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MORALITY

22.1 INTRODUCTION

Morality and religion belong in this section, because
both are involved in maintaining cooperation. Both also
combine evolved and cultural elements. However, they
do so in different ways. Morality was an adaptation to
support the intense human cooperation, and has subse-
quently undergone extensive cultural evolution to adjust
to new forms of society. Religion, in contrast, evolved as
a byproduct of cognitive mechanisms to deal with con-
specifics’ behavior, but was recently pressed into service
through cultural evolution as an adaptive mechanism to
maintain moral norms. Religion is the subject of the next
chapter. The fact that both morality and religion show
complex interactions between biological predispositions
and cultural elaborations make them difficult topics. Our
knowledge of their origins is therefore still incomplete,
although increasing rapidly.

As always, it is useful to start with an approximate
definition. Dictionaries generally define it as the quality
of being in accord with standards of good conduct.
This definition neatly encapsulates two key features.
First, morality is about doing the right thing and avoid-
ing doing evil (“doing good”). It therefore comprises
behavioral acts that are prosocial or even altruistic. It
is about helping others, not harming them, being fair,
and serving the interests of the group rather than of the
individual. Second, morality involves adhering to the
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standards of right and wrong (norms) that prevail in the
group one lives in (we use ‘social’ or ‘moral’ norms
interchangeably because they are on a gradient). Human
societies serve as moral communities that have “a set
of shared norms about how members ought to behave,
combined with means for imposing costs on violators
and/or channeling benefits to cooperators” (Haidt 2007).
Morality therefore also has an element of conformity, or
of following the authority of respected leaders. In part,
then, morality concerns our obligations to others (Appiah
2008).

Haidt (2007) also recognizes these two elements
as core features of moral intuitions or preferences that
underlie people’s moral judgments (Table 22.1). His
prosocial/ harm avoidance and fairness elements are part
of the prosociality components, whereas his loyalty to
in-group is clearly part of the conformity component.
To this we can also add obedience to authority. He then
adds a fifth element: the striving toward purity of body
and spirit. We will encounter the latter in the chapter on
religion (see Section 23.3). We will thus focus on the
first four elements of Table 22.1, along with concern for
reputation, to develop a hypothesis for the evolution of
morality.

This chapter examines the origins of human moral-
ity. There are three possibilities. First, morality was
bequeathed to humans, and humans only, by a powerful
superhuman entity. We will not entertain this possibility
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Table 22.1 Psychological foundations of human moral
behavior, providing the main classes of moral intuitions
or preferences. After Haidt (2007).

Content

1 Predisposition to be prosocial and avoid harm

2 A sense of fairness

3 Loyalty to the in-group

4 Obedience to authority of elders (or preference for
normative conformity) 

5 A striving toward purity of body and spirit

here because, even if true, it does not lend itself to further
empirical investigation.

Second, morality is a recent cultural invention, prob-
ably in response to the invention of food production and
the development of complex societies. This is probably
the position still held by the majority of scholars but, as
we suggest below, it leaves some key aspects of moral-
ity unexplained. A more sophisticated variant of this is
that morality is a recent byproduct of other aspects of
our evolved psychology (Prinz 2008) – a position we will
argue for in the chapter on religion (see Section 23.4), but
not here for morality.

The third possibility, assessed here, is that morality
evolved as a biological adaptation that was subsequently
modified by cultural evolution. Cultural evolution meant
that the content of moral preferences is not uniform in
space and time. In the last few millennia religion also
became part of the process, as discussed in the next
chapter.

The goal of any naturalistic explanation for the phe-
nomenon of morality should be to explain its origin based
on the principles of evolutionary biology or cultural evo-
lution and the known facts of human evolution. However,
remember that explanation is not justification. The goal
is not to produce an ethical system: it is description, not
prescription (but see below).

In this chapter we will therefore first review what
evolutionary biologists have said about morality in the
past, then evaluate the modern evolutionary hypothesis
for morality as an adaptation, and examine its explana-
tory power relative to that of the main alternative, that
morality is a relatively recent, purely cultural invention
based on our superior reasoning ability. We then examine
how a biological hypothesis can explain cultural variation
in social norms and how norms evolved in the first place.
We end by asking whether we should expect moral
behavior in other species and, if so, in which.

22.2 BIOLOGY AND MORALITY

Early Approaches

For a long time, the interaction between evolutionary
biology and the study of morality consisted of attempts
to deduce ethical prescriptions from the facts of biology.
The first attempt goes back to Darwin’s contemporary
Herbert Spencer. He raised natural selection and the
known rules of macroevolution to the level of goals
that we should try to attain. The justification for this
is one of efficiency: it is better not to work against
evolution because that is costly and it is going to happen
anyway. This approach has come to be known as Social
Darwinism, although Darwin himself never identified
with it.

A subsequent, somewhat different variant instead
stressed the importance of avoiding having to cope with
the negative effects of selection. The eugenics movement
argued that helping the poor or curing the congenitally
ill is inefficient because these actions keep the genes that
lead to these deficits from being weeded out by selection,
and thus leads to increasingly heavy care loads in the
future. This argument is now largely abandoned on both
moral and empirical grounds.

Other examples can be given (see Dugatkin 2006), but
after World War II such attempts virtually disappeared. A
rare modern argument in the same tradition is by Wilson
(1978), who argued that maintaining the diversity of the
gene pool is an important goal if the human species is
to survive, and from this goal derived various proposals,
including the conservation of biodiversity (Wilson 1984).

All these variants try to derive moral principles from
a knowledge of biology. They thereby run the risk of
committing the naturalistic fallacy, which is to argue
from is to ought, from facts to values. They take features
of the evolutionary process (the macroevolutionary rules,
the nature of selection, genetic diversity) and turn them
into desirable goals. This step allows them to deduce
prescriptions for human behavior in order to reach these
goals. This line of argument is fallacious unless one
explicitly adds the premise that some fact is considered
good and thus that pursuing a particular state of affairs is
a morally desirable goal.

An Evolutionary Explanation

The goal of evolutionary anthropology is to understand
the evolutionary origins of the human condition rather
than to derive prescriptive rules to organize our social
life. We therefore focus on the approach pioneered by
Charles Darwin, who with characteristic clairvoyance
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wrote in his Descent of Man (1871): “morals and politics
would be very interesting if discussed like any branch
of natural history”. In other words, he believed that
morality (and politics, see Section 19.8) was the product
of natural selection. As to the function of these behaviors
and emotions, he suggested that: “the praise and blame
of our fellow-men” and “love of approbation and the
dread of infamy” act as “powerful stimulus to the devel-
opment of social virtues”. For Darwin, then, morality
is largely about fitting into society and maintaining a
good reputation. What he did not explain was why these
emotions seem to be limited to humans.

Darwin’s approach, while seemingly obvious, has not
been very popular. Huxley (1894) explicitly rejected it,
arguing instead that morality represents a recent cultural
invention: “Let us understand, once and for all, that the
ethical progress of society depends, not on imitating the
cosmic process, still less in running away from it, but in
combating it”. Various influential evolutionary biologists
since then agreed. Dawkins (1976) noted that “we, alone
on earth, can rebel against the tyranny of the selfish repli-
cators,” whereas Williams (1989) argued “we need all the
help we can get in trying to overcome billions of years
of selection for selfishness”. The main reason they devi-
ated from Darwin’s hypothesis may be that it appeared to
invoke group selection as the selection mechanism that
produced this adaptation. Dawkins and Williams could
not imagine how ‘selfish’ genes could produce prosocial
behavior among non-relatives. However, the ostensibly
compelling argument that selfish genes cannot be respon-
sible for psychologically altruistic behavior is fallacious
(see Section 2.2). Human cooperation, as a reflection of
our foraging niche, has produced a situation of strong
interdependence. Hence, every individual forager is bet-
ter off cooperating, especially since being detected as a
cheater has dramatic consequences (see Section 20.4).

De Waal (2006) pointed out that these evolutionary
biologists made no attempt to explain why this excep-
tion to their otherwise watertight evolutionary system is
needed, and why morality tends to have a core of helping
and avoiding harm rather than, say, advocate privileges
for the powerful, as expected on the basis of the self-
ish gene metaphor. However, when pressed they would
probably argue that morality is a byproduct of our ability
to reason and to generalize, in the same way that math-
ematics is a byproduct of our ability to reason and art
is a byproduct of our aesthetic sense. With the majority
of non-biologists and following Hobbes, they therefore
claim that morality is a cultural invention made in concert
with the development of civilization, that is, the origin of
states. We will argue that morality is much older than that
and predates both civilization and monotheistic religion.

Various evolutionary biologists have recently returned
to adaptive explanations. In the wake of the rise of socio-
biology, many scholars considered the problem solved
when the evolutionary roots of altruistic behavior were
explained as products of reciprocity and/or kin selec-
tion (Wilson 1978). Morality was simply the cultural
expression of biological altruism. However, although
regular biological cooperation in the form of reciprocity
and nepotism are elements of morality, morality is much
more than regular biological cooperation. Morality
also is about complying with society’s social norms,
which should be applied equally to all individuals,
regardless of their interests. Thus, although this hypoth-
esis is in the right direction, it must be expanded to
explain the origin of morality (see also Alexander 1987;
Rosas 2007).

Biological adaptations tend to have an innate com-
ponent. Darwin’s approach of morality as an adaptation
has gained much traction during the past decade due
to work showing that moral actions are often based on
snap decisions guided by moral intuitions that cannot
be articulated (emotionism: Haidt 2008), rather than
carefully articulated and reflected moral judgments.
Indeed, the underlying proactive prosociality and even
the distinction between conventions and morality arise
early in life, as does the urge to conform (Tomasello
2009; Vaish et al. 2009). Even babies already prefer
‘good’ people and avoid ‘bad’ people (Bloom 2013) and
show clear responses to need in others (Dunfield et al.
2011). Thus, the major elements of our moral emotions
arise very early, strongly suggesting an innate core.

This approach shows great similarity with the
moral-sense theory of the Scottish Enlightenment
philosophers, such as Adam Smith and David Hume
(Monroe et al. 2009), although the latter obviously did
not think of the sentiments as products of evolution
through natural selection. Because many organisms
cooperate, and they all need proximate mechanisms
to regulate it, and many may also have subjectively
experienced emotions that accompany these proximate
mechanisms, we must also inevitably accept the potential
presence of moral emotions in other animals. We will
return to this question at the end.

22.3 THE BIOLOGICAL BASIS
OF HUMANMORALITY

Introduction

The hypothesis examined here is that morality is simply
the emotional side of a behavioral adaptation to maintain
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extensive sharing among individuals that rely on it. To
put it technically, our moral emotions are the subjec-
tive dimension of the adaptive proximate regulation
mechanisms that served to maintain cooperation among
human foragers, which in turn is a derived adaptation
to a novel lifestyle that requires generosity and sharing
due to extreme mutual interdependence, where novel
and derived are defined relative to the concestor (see
Section 20.4). Morality is therefore an adaptation like
any other, except that its possible expression in other
animals remains inaccessible to us humans.

The most likely reason that this very obvious adaptive
hypothesis has not often been entertained before is that
most modern observers find it hard to imagine our origi-
nal foraging lifestyle, for two reasons. First, this lifestyle
is largely defunct and today’s societies differ dramatically
from those of foragers (see Section 20.5). Second, the for-
aging lifestyle is just as radically different from that of
the great apes, to which biologists have recently turned
for inspiration about the life of early hominins. Extant
great apes may show us the evolutionarily older core of
our moral psychology, but not the human-specific version
that evolved during the Pleistocene period.

Because the subsistence and social organization of
foragers was described in detail in Chapters 5, 8, 19 and
20, we just give a brief synopsis here. Forager groups
vary in composition over time but generally contain
genetic (biological) kin of various degrees of kinship,
as well as affinal (by marriage) kin and various people
not closely related to others (Hill et al. 2011). There
are no isolated nuclear families, nor is there a clear
tendency for either sex to remain in their natal camp
once adult. Nomadic foragers live in highly egalitarian
societies that are largely free of dominance, show no
hierarchy among camps or groups within a macro-band,
and are united by a shared set of customs and a common
language.

The fundamental feature of foraging ecology is that it
is critically dependent on intense cooperation with fellow
group members. Food is often acquired cooperatively and
it is widely shared after acquisition. Accordingly, a soli-
tary human forager, in stark contrast to a solitary great
ape, is always far worse off than a cooperative forager.
This situation of thorough interdependence gives every-
one in a forager camp a stake in each other’s (and thus
the group’s) wellbeing. Such a situation is not common in
nature, but is also found among various species, in partic-
ular cooperative breeders (Clutton-Brock 2002) and obli-
gate cooperative hunters.

The Proximate Control of Human Cooperation

Since species-typical, adaptive behaviors that involve
genetically anchored predispositions must be regulated
by proximate factors, we must assume that this lifestyle
still has a profound impact on our psychology, provided
that our basic mental architecture has not changed fun-
damentally in the relatively short amount of time since
our species adopted a sedentary life style that involves
agriculture and more recently life in cities (cf. Tooby &
Cosmides 2005). This assumption is not unreasonable,
given that humans still show several features suggesting
egalitarian social preferences, such as the presence of
innate components to proactive prosociality suggested by
developmental studies (Tomasello 2008), the presence of
smiling and blushing (see Section 20.4), and the negative
impacts on health of living in more despotic societies
(see Section 19.6).

The proximate rules underlying human cooperation
were illustrated in Figure 20.5 (see Section 20.4).
A first set is linked to cooperative breeding. Thus,
we have highly prosocial tendencies, which are both
proactive (spontaneous) and reactive, that is elicited
by empathy-evoking stimuli (need) and modulated by
social proximity (friendship, kinship). These motivations
ensure that we look for opportunities to care for others.
Cooperative breeders should also have a motivation
to conform to the majority and to synchronize plans
because they frequently engage in coordinated collective
action.

The second set of motivations may be more tightly
linked to cooperative hunting and foraging, with the obli-
gate food sharing imposed by the uncertainties of forag-
ing returns and the division of shareable resources. Thus,
our prosocial tendencies are modulated by a preference
for a fair resource distribution. They are also strength-
ened when the actor perceives the presence of an audi-
ence, reflecting the importance of reputation in our lives.
Finally, like cooperative breeding, hunting and foraging
should have favored the tendency to have shared goals
with others, and thus to internalize the local social norms.

From Cooperative Motivations to Moral
Emotions

We can now move from the descriptive level of moti-
vations, which are estimated by the degree to which
these hypothetical constructs can predict behavior, to
that of the experienced, subjective feelings (emotions)
associated with these motivations to the acting individual
human. This is difficult because there is no universally
accepted classification of emotions. However, all moral
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Table 22.2 A classification of emotions that underlie human moral prefer-
ences. After Haidt (2003)

Moral Emotion Example

compassion (empathy)

Other-directed: praising

Other-directed: suffering 

gratitude, awe, elevation

Other-directed: condemning anger, contempt, disgust

Self-conscious: conscience shame, embarrassment, guilt,
remorse 

emotions share the property that they have a strongly felt
element of obligation (“ought”). In other words, they
have a high priority relative to other motivations, such as
hunger, fear and sexual desire, giving them a virtually
privileged status. This privileged status makes functional
sense. Moral emotions are often especially needed in
situations where no other stimuli force prosociality.
Imagine, for instance, you acquired valuable food and
no one is around to request part of it. If you are caught
eating a large amount of it without sharing then loss of
reputation is inevitable, which for a forager comes close
to a death warrant. Better then to internalize the prosocial
motivation and give it highest priority relative to other
motivations.

Haidt (2003) provides a simple classification of
moral emotions (Table 22.2). These largely concern the
prosocial component but, when others are praised or con-
demned, there is a strong normative component as well.

These emotions support the four major components
of human moral psychology, upon which our reflective
morality is also built: sympathy, the wish to conform, a
sense of fairness, and a concern with reputation.

Foundational to the prosociality rule is an
other-directed suffering emotion: sympathy. Sym-
pathy is the combination of a prosocial motivation and
empathy, that is, the ability to imagine another individ-
ual’s mental state which, in humans, tends to be readable
from facial expressions, gestures and vocalizations (de
Waal 2006, 2009). It can be stated colloquially as the
urge to do good. We actually feel good about doing good,
as suggested by both verbal reports and physiological
indicators (Harbaugh et al. 2007; Steger et al. 2008).

The second component is our urge to belong to the
group and comply with its norms – the group-level
pendant of the dyadically expressed shared intentionality
of human children and adults (Tomasello 2009). People
often report feeling happy when part of a synchronized
group effort, be it in war (see Section 21.5) or in religious
rituals (see Section 23.3). We can add that we often

feel guilt or shame when violating group norms, even if
unobserved, suggesting we have internalized these norms
and made them part of our conscience (the self-conscious
emotions of Table 22.2). Functionally, this may simply be
about avoiding shunning or punishment and maintaining
a good reputation, but our emotions reflect the wish to
abide by the norms.

In addition to this intrinsic component of conformity,
there is usually also an extrinsic one that operates
simultaneously. Compliance with local norms arises in
part from sensitivity to peer pressure and punishment
(elicited by a combination of the other-condemning and
self-conscious emotions). This external influence on our
moral emotions engendered Adam Smith’s inner spec-
tator or David Hume’s homunculus, and is based on our
well-developed Theory of Mind, our ability to take the
perspective of others. If we take this to its extreme and
fully internalize the perspectives of others, such external
motivators are no longer needed and represented and we
only possess emotions such as conscience (to avoid norm
violations) and guilt and remorse (to repair them).

The prosocial and norm-compliance components are
also expressed in our sense of fairness. We praise those
who show fairness and update their reputation score. We
deploy our empathy, that is, feel upset, in favor of the
underdog, that is, the weaker individual treated unfairly
by the stronger. When our sense of fairness is violated, we
quietly disapprove, we protest and try to recruit others in
our disapproval, or we punish the perpetrators, depending
on our social freedom.

There is evidence for a biological basis for such
punishment of norm violators: punishing norm violators
is psychologically rewarding (de Quervain et al. 2004).
Interestingly, although animals do not have social norms
as we know them, they do show punishment, as a form
of aggression to enforce cooperation (Clutton-Brock &
Parker 1995b). Thus, punishment is probably an adaptive
phenomenon, serving to enforce norm compliance, if
it improves the violator’s future norm compliance and

carelvanschaik
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deters other potential violators (audience). Punishment
can be meted out directly by offended targets, but also
by uninvolved bystanders (third parties), where it can
signal the punisher’s unwillingness to tolerate norm
violators, and thus make him or her more attractive as a
cooperation partner (reputation). Justice is the impartial,
formalized version of fairness; its aim of upholding the
group’s norms focuses on punishment.

Seemingly unconnected to these emotions is our
obsession with reputation, with how other people per-
ceive our actions. However, most of the other-praising
and other-condemning emotions in Table 22.2 can in fact
be said to establish, maintain, or restore ego’s or others’
reputation. Although in some cases this concern is our
psychological (proximate) goal, it is also often merely
the function, and not represented consciously. We saw
earlier that people are more prosocial when they are
reminded of the presence of the moral community, as in
the experiments using eyes as a subconscious cue to the
presence of an audience (see Section 20.4). The social
anxiety felt by people, such as whether or not they are
accepted by others, similarly expresses a subconscious
concern about their reputation. The concern with one’s
own reputation is mirrored by a rabid interest in updating
the reputation of others. Gossip is the main means of
updating, and many people spend an inordinate amount
of time engaged in it (Foster 2004).

The Evolutionary Origin of Social Norms

Social norms are “socially agreed-upon and mutually
known expectations bearing social force, monitored
and enforced by third parties” (Tomasello 2009), or
“standards of behavior based on widely shared beliefs
how individual group members ought to behave in a
given situation” (Fehr & Fischbacher 2004). Social
norms are ubiquitous but their content is not always easy
to identify. Unless they are verbally explicated, norms
are best recognized by responses to their violation, and
these reactions among foragers may be subtle, largely by
way of shunning the violator.

Why do humans need social norms? All norms (and
thus morality) reflect attempts to resolve fundamental
conflicts of interest. In the absence of a conflict of
interest, there would be no need for norms. On the other
hand, in the absence of interdependence or a strong
overlap of interest, there would be no reason to keep
harmonious cooperation going. Thus, social norms are
necessary where cooperation is essential, but the interests
of the cooperating parties show incomplete overlap.

An important question is how social norms evolved,
and whether we find them in nonhuman primates or

other animals or exclusively in humans. Individuals in all
social species will have private (or egocentric) standards
or norms, that is, have expectations about how others
should behave toward themselves. If these expectations
are violated, these others should expect avoidance,
protest or aggression on the part of ego (Rudolf von Rohr
et al. 2011). Much aggression among animals can be seen
as a response to the trespassing by others. For instance,
a subordinate monkey attacked by a higher-ranking one
may respond with special screams that attract allies with
a higher probability than regular screams (de Waal et al.
1976). Normally, such attacks occur without provocation,
that is, without the subordinate having come too close or
attempting to steal the dominant’s food. These screams
can be interpreted as protests at having one’s private
norm violated.

Norms become majority norms when they also apply
to expectations concerning the behavior of third parties,
that is, dyadic interactions that do not involve the owner of
the norms. Majority norms are therefore upheld because
violators are punished by others, rather than by intrin-
sic motives shared by all group members. Thus, they are
not collective norms. Trespassers actually benefit from
violating the norms and only abide by them to avoid the
effective coalitionary attacks (punishment) by the major-
ity of group members. Majority rules may be taxonomi-
cally widespread, being found wherever the social system
is sufficiently egalitarian, thus allowing the majority to
punish dominant norm violators.

Given that norms reflect the presence of a conflict of
interest, we should not expect the existence of collective
norms, that is, norms that are complied with because all
individuals benefit from adhering to them. Yet mobile
foragers and serious followers of modern religions
show what look like collective norms, perhaps because
individuals manage to control temptations to violate
them. The reason for this is that any short-term gain from
not sharing food or stealing from others would generally
be offset by the loss of one’s reputation, jeopardizing
receiving future help from others when in need. Thus,
the functional reason why the temptation to trespass still
exists may well be that if the violation is not detected by
anyone, then the violator gains (subtle cheating: Trivers
1971), whereas the functional reason to internalize the
norm as a private psychological goal (thus making it
collective) is the high future cost of being detected
(relative to the short-term gain). Even among foragers,
potential dominants may refrain from taking more than
their fair share in part out of fear of being ridiculed or
ostracized by the “moral community” (Boehm 1999).
Majority norms and collective norms may thus be on a
continuum, where we expect humans to be closer to the
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collective end and nonhumans closer to the majority end,
on average.

The Origins of Normative Conformity Children
have a talent to distill and recognize local social norms
so they can adhere to them (Rakoczy et al. 2008). The
function of this obvious tendency toward normative
conformity is that it makes it possible for individuals
to engage in coordinated collective action, and for new
individuals to fit in quickly. This preference is therefore
a normative form of shared intentionality (Tomasello
2009), which we will discuss as a derived human
cognitive ability (see Section 25.5).

Because no such preferences are known among
animals, the question is how this preference evolved. We
see various building blocks: informational conformity,
over-imitation and perhaps homophily.

When given the choice to attend to two novel actions,
say A and B, to gain access to a food source, naïve non-
human primates will inevitably attend more to the ones
they encounter the most. One could call this weak infor-
mational conformity. There is also some experimental
evidence for a stronger form of informational conformity,
which shows a preference for the action shown by the
greater number of different individuals, when the total
exposure to the two kinds of actions is held constant
(Haun et al. 2012). Finally, there is some experimental
evidence for an even stronger form of informational con-
formity, where individuals give up an existing preference
for food type A after being exposed to a new group in
which all individuals show food type B (van de Waal
et al. 2013). Thus, the concestor probably already had a
tendency toward strong informational conformity when
it came to socially acquired actions and preferences.
The adaptive significance of this is obvious. The learner
acquires the most valuable skills or the best local infor-
mation in this way, relying on the wisdom of the crowd.

Another building block is over-imitation. Human
children over-imitate, that is, they also imitate function-
ally irrelevant actions when exposed to novel tasks by
experts who are older and have some authority (Lyons
et al. 2007). Originally, its function may have been
entirely informational, as a result of cumulative cultural
evolution (see Section 3.4). Adult actions often appear
functionally opaque to young children, who first learn
to ‘go through the motions’ and then gradually learn to
understand the functional significance of each action
in the sequence. However, today, over-imitation also
happens because children and adults alike prefer to
adhere to the local norm (McGuigan et al. 2011).

Finally, humans show homophily, the preference for
associating and affiliating with individuals that look and

act like self. This tendency is adaptive in that it helps to
achieve efficient joint action. Unfortunately, apart from a
single study (Paukner et al. 2009), we know nothing about
its presence in other species. It may therefore itself be
uniquely derived in humans to serve this novel function of
intense joint action, or be shared with many other species
that engage in cooperation involving coordinated simul-
taneous actions by two or more actors (collaboration).

22.4 CULTURAL INFLUENCES ON
HUMANMORALITY

Explanatory Power of the Biological Hypothesis

The Darwinian hypothesis about morality presented
above is congruent with many known features of
practical human morality, which makes it a powerful
alternative to its main competitor, the cultural origins
hypothesis. First, we now know that everyday moral
decisions are not usually built on conscious deliberation
but rather on intuitive and rapidly executed responses,
too fast for mental calculation to have affected them
(Greene & Haidt 2002), showing there is an intuitive,
emotional (non-cognitive) core. Unreflected morality is
more about emotion than about cognition.

Second, the hypothesis explains why all societies have
moral codes, that is, morality is a “human universal”, even
though the content of this code nonetheless often varies
in space and time (see below). A cultural origin could
have meant that not all societies decided to adopt moral
codes.

Third, the Darwinian hypothesis explains why prac-
tical morality has a tribal element. This embarrassing
fact about practical morality can comfortably be linked
to the original function of human cooperation, which
ended at the boundary of the society, or at least changed
markedly in its regulation from trust to calculated
reciprocity (Wiessner 2006). Thus, in interactions with
individuals from a different community (‘out-group’),
different behavior patterns are observed, as reflected
in the extensive research on in-group versus out-group
differentiation (Rabbie 1992) and widespread reports
in cultural anthropology (de Waal 2006). An elegant
experiment examining third-party punishment in a
mixed-tribe setting illustrates the parochial nature of
morality: punishers in a third-party punishment game
meted out harsher punishment when the victim of a lack
of fair sharing was from the same tribe as the punisher
than when she was from a different tribe (Figure 22.1).
A purely cultural approach cannot explain this fact so
readily.
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Figure 22.1 The parochial nature of human morality.
Punishment (by C) in a third-party punishment game is
harsher when the victim (B) of unfair sharing in a dicta-
tor game (A being the dictator) belongs to the same tribe
as C. This game was played in a mixed-tribe setting in
Papua New Guinea. Individuals in the same gray oval are
from the same tribe. After Bernhard et al. (2006).

Finally, the biological approach may also explain why
there is no universally accepted system to derive moral
rules (think of utilitarianism, deontology and contract the-
ory). Our innate moral intuitions evolved to deal with the
problems of cooperation among foragers, not to deal with
the moral problems in large-scale, anonymous, and tech-
nologically complex societies. Thus, natural selection did
not put in place the set of basic principles by which to
adjudicate on the major moral dilemmas facing the mod-
ern world, such as abortion, animal suffering, the produc-
tion of transgenic organisms, use of nuclear energy, and
so on. (e.g. Prinz 2007, 2008). Reasoning about moral
problems can thus lead to outcomes that are in conflict
with the predispositions that served us well when wewere
all foragers. The emotions can also be directed at different
referents, due to cultural evolution.

Culture Interacts with Biological
Predispositions

What is considered moral behavior varies extensively
from place to place and has also varied over time. This
massive geographic and historical cultural variation

in social norms poses a challenge to the biological
hypothesis, although one could argue that variation in
diet or feeding techniques in apes is equally great and
not considered a refutation of the presence of biological
predispositions and biases. Even so, we must examine
how cultural variability can be reconciled with the set of
biological predispositions identified above.

The cultural view is that at least some, or perhaps
most, of the emotions that underlie many snap moral
judgments and also enter into moral reflection do not
have a biological basis but are the product of culture.
This model can of course readily explain variation in
social norms in space and time. A variant accepts that
the emotions evolved through natural selection but are
now applied in novel contexts to serve a novel function
(Prinz 2007). However, only the naturalistic hypothesis
predicts that norms will only quite rarely be biologically
arbitrary.

It therefore remains important to reconcile the view
that there is a biological core to our morality, that is, a set
of innate moral preferences, with the enormous variety of
actual moral systems. This variation must have originated
subsequent to the origin of diverse forms of society fol-
lowing the adoption of food production. Indeed, among
different foragers, rules are largely similar (Hill 2009).
The value of this exercise would be to identify constraints
on the contents of moral judgments and social norms,
which may even lead to finding some (near-) universal
social norms (Rudolph von Rohr et al. 2011). At least, it
will show the possible boundaries of what people can be
driven to design in terms of ethical systems (see below).

This position requires that we flesh out the explana-
tion for the geographic and cultural variation in social
norms and the products of moral reflection in terms of
interactions among, or suppression of, these basic moral
emotions. Figure 22.2 summarizes this hypothesis.

First, the moral emotions we postulated above based
on forager ecology may produce conflicting results. Thus,
our prosociality-based empathy may be in conflict with
fairness. For instance, when assigning patients eligible
to receive an organ transplant when suitable organs are
scarce, we may be in favor of a set of rules that assign
these organs based on a list of objective criteria that iden-
tify the most eligible candidates, but are simultaneously
inclined to help a good friend or relative in need of such
an organ (e.g. Batson 1991). In addition, both empathy
and fairness may often be in conflict with our urge to con-
form or with our strong in-group bias. This conflict must
be resolved by rational argument fed by moral reflection
and rules are derived (although this is when ethical sys-
tems produce conflicting conclusions). Moreover, most
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Figure 22.2 A model to integrate the effects of biolog-
ical predispositions, moral reflection, and cultural influ-
ence (in the form of social norms) on the current moral
preferences shown by people in everyday life.

of us feel that moral judgments must have a universal-
ity claim, that is, must lead to conclusions that ought to
be universally applicable.

Second, resource limitations force individuals to set
priorities, caring first for the family, and then the tribe, the
nation, the world’s population, and finally other organ-
isms, as affluence increases. Thus, the ‘expanding circle’
(Singer 1981) is better seen as a pyramid floating on the
resource base (de Waal 2006): the broader the pyramid’s
base, the wider the circle. This process explains the moral
progress seen with the gradual improvement in the treat-
ment of women, ethnic or religious minorities, slaves, and
so on.

Third, the variation may reflect lack of knowledge,
as when suffering elsewhere in the world was not visi-
ble until modern communication techniques made it so.
Finally, variation may be due to coercion or manipulation
by powerful elites (e.g. by convincing us that others are
monsters not worthy of receiving moral treatment), pre-
venting the expression of the basic moral emotions. For
all these reasons, the emotionally based innatemoral pref-
erences may be molded into current moral preferences to
fit current conditions.

The model depicted in Figure 22.2 is interactionist.
It does not posit the superiority of the biological predis-
positions. Moral reflection remains essential, as does our
insistence that solid moral judgments must have a univer-
sality claim, that is, must lead to conclusions that ought to
be universally applicable. However, the model does argue
that one cannot understand the nature of the variation in
human morality without knowing the foundational innate

predispositions and that much of this variation is made
possible by our preference to conform to local norms once
they are established.

22.5 PHYLOGENY AND MORALITY

Morality in Other Species?

The approach taken in this chapter must admit of the
possibility that other species also have a morality that
is adapted to their particular style of cooperation. Any
and all attempts to demonstrate morality in animals
are severely constrained by the fact that we are not yet
able to identify the subjective character of the moral
motivations these animals may have. Nonetheless, a
Darwinian approach would have to assume that our close
relatives also have subjective experiences underlying
their proximate rules – a proposal bolstered by the results
of research on chimpanzees (de Waal 2006, 2009; Flack
and de Waal 2000; Rudolf von Rohr et al. 2011). Thus,
what we subjectively experience as moral emotions or
intuitions may also exist among nonhuman animals,
although currently we lack the tools to test this idea.

The evolutionary continuity assumption suggests
a high overlap in the emotions between humans and
great apes, with any differences due to the fact that
humans have evolved a different style of cooperation and
therefore a different set of proximate rules (see Section
20.4). Thus, only the derived aspects of human morality
may be unique. Still, the presence of culturally based
social norms among humans is almost certainly uniquely
derived.

Much evidence points to the possibility that animals
have some kind of social norms. In many primate species,
dominant animals do not have unconstrained freedom
to attack anyone ranking below them. The ability of
lower-ranking individuals to protect themselves from
such arbitrary violence assumes the ability to form
defensive coalitions and thus also a limited degree of
despotism, or at least a moderate degree of subordinate
leverage (see Section 17.2). In chimpanzees, for instance,
we see loud protests by bystanders when males attack
females or infants (Goodall 1986) and even aggressive
coalitions by females against coercive aggression by
males (Newton-Fischer 2006).

A likely candidate for a social norm in chimpanzees,
and perhaps various other nonhuman primates, is the
rule “do not attack infants”. In many nonhuman pri-
mates, males that attack small infants are greeted by a
sheer-collective outcry and fast approaches that may
involve mobbing and even outright physical attacks by
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individuals not related to the infant, that is, not directly
involved (Hrdy 1979; van Schaik 2000). It is likely that
the protesting individuals are highly aroused emotionally,
because these reactions are quite intense. It is also clear
that most of the members of the society benefit from such
a rule, whereas the infanticidal male or female stands
to gain from harassing or killing particular infants (van
Schaik & Janson 2000; Daly & Wilson 1999). These
individuals must have a temporarily high motivation to
attack and kill particular defenseless babies, and thus
deviate from the norm.

A likely example of a moral preference in chim-
panzees is the tendency of high-ranking individuals of
both sexes to intervene in agonistic interactions among
non-relatives in an impartial way, without deriving any
apparent benefit from this (Flack & deWaal 2000, Rudolf
von Rohr et al. 2012). The arbitrators’ behavior has been
interpreted as an expression of community concern, and
thus a reflection of a moral preference. However, it is
impossible to evaluate whether individuals subjectively
feel the high-priority, obligation-like nature of their
behavior.

To go beyond plausibility, one would have to
show that non-involved animals (third parties) respond
strongly to putative norm violations, thus suggesting the
existence of shared social norms that should apply to all
individuals. So far, the relevant experiments have not
been done, but Rudolf von Rohr et al. (2015) showed
that chimpanzees respond differently to video scenes
containing severe aggression against infants, including
infanticide, compared to control video scenes that also
contained social aggression but lacked the putative moral
transgression of attacking an infant (Figure 22.3). The
subjects expressed their reactions in strongly increased
looking times. However, there were not more visible
outbursts of emotional reactions, perhaps because the
events involved total strangers rather than fellow group
members. More physiological work may thus end up
showing the existence of moral emotions in chimpanzees.

If the argument pursued here is correct, other
organisms most likely to have convergently evolved
moral emotions will be those that like humans have
evolved strong interdependence but with opportunities
for expressing selfishness. The few species that are both
cooperative breeders and hunters – and thus provision
their young and breeding females and share food among
all group members – should be prime candidates, but
may lack the cognitive capacities needed to support more
than majority norms. Thus, future work could focus on
these species.
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Figure 22.3 Looking times of captive chimpanzees
watching video clips of unfamiliar conspecifics engaged
in diverse social events. Notice that infanticide elicited far
more visual interest than the equally violent hunting scene
(even though they had experienced infanticide but never
seen hunting) or escalated male aggression. The tool use
scene was used as a control. After Rudolf von Rohr et al.
(2015).

The Evolution of Morality in Hominins

The Darwinian hypothesis argues that morality is needed
where individuals have a strong interdependence while
simultaneously being able to free ride on the efforts of
others. The individual emotions largely depend on the
critical functional role of reputation. There is no evi-
dence for reputation in nonhuman species, and one may
surmise that its role in hominins was greatly boosted by
the evolution of language. If this is so, we should expect
that morality in hominins was less developed before the
evolution of language, presumably around 500 kya (see
Section 26.5).

One can therefore speculate on the role of language
in the effectiveness of human cooperation. One could
plausibly argue that language strengthens cooperation
because it makes individuals more concerned about
their reputation and because it allows much better
planning and coordination of joint activities. Likewise,
the discussions made possible by language may lead to
stricter norms, including impartial norms. Again, if this
is correct, this would explain the major boost in hominin
demography and technology (the origin of Mousterien
or mode-3 tools), new hunting techniques, and ethnic
marking, followed by the emergence of Homo sapiens.

22.6 PHILOSOPHICAL IMPLICATIONS

Wilson (1998) argues that if we agree that ethical
precepts, such as justice and human rights, are not
recent cultural inventions, we must accept that they exist
independently of human experience. He then hopes that
“by exploring the biological roots of moral behavior, and
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explaining their material origins and biases, we should
be able to fashion a wiser and more enduring ethical
consensus than has gone before”.

Philosophers generally dislike such biological expla-
nations of morality (but see Kitcher 2006), because they
see this as attempts to justify particular ethical precepts
and as examples of the naturalistic fallacy. However, a
biologist might argue that privileging morality as some-
how different from other behaviors has no biological
justification, given that moral emotions are simply more
urgently felt and have higher priorities than others for
straightforward functional reasons. More importantly,
ethicists have so far been unable to generate convincing
justifications of their moral systems, which is also
illustrated by the coexistence of various approaches
(e.g. Kantian versus utilitarian ethics). Indeed, in the
end, despite lengthy philosophical reasoning, moral
judgment sometimes comes down to ‘gut feelings’,
that is, intuitions with a strong emotional basis. As
Kitcher (2006) notes, such appeal to intuition is ‘an
epistemology of desperation’. The presence of these gut
feelings suggests the presence of biological constraints
on moral arguments. Ruse (1986) went so far as to argue
that no justification is possible and that morality is just a
genetically anchored collective illusion put in place by
selection to make us more altruistic.

We may thus simply have to accept that as humans we
tend to find some arguments intuitively more compelling
than others, a reflection of biological constraints on the
conclusions we can accept and thus of the presence of
deeply anchored, but largely unconscious preferences.
This may sound like a subtle version of the naturalistic
fallacy, but perhaps it is not: some statements or con-
clusions are simply more plausible or palatable to us,
because we are all humans with our innate biases. In
spite of our cultural differences, human moral systems
show a strong bias toward prosocial content and have
a heavy emphasis on concepts like fairness and equity
or equitability and on avoiding harm to the defenseless.
It is hard to imagine that moral philosophers will ever
develop ethical precepts stating that mistreating infants
or brother-sister marriage are proper and desirable. This

suggests that biology may indeed have constrained the
contents of human morality. Had we been honeybees,
for instance, our moral systems would have been quite
different. For instance, sisters might have felt it their
“sacred duty to kill their brothers” (Darwin 1871).
Consequently, it must be noted that some culturally
based moral prescriptions that ignore strong biological
predispositions, however noble in their intentions, are
not easily upheld. Examples include life-long celibacy
or life-long and exclusive monogamy.

22.7 CONCLUSIONS

The moral emotions of humans, as described in recent
research, correspond remarkably well with the proximate
machinery needed to maintain cooperation in small
groups of human foragers. The core claim examined
here was that the moral emotions that underlie the snap
moral judgments people make in everyday situations
are nothing more than the subjective dimension of the
evolved proximate regulation of cooperation among
our forager ancestors. Cooperation among foragers
is characterized by generosity and sharing, reflecting
their extreme mutual interdependence. Most of our
cooperative actions serve to establish and maintain a
good reputation, even if we are generally only dimly
aware of this function.

Moral emotions in humans are molded by innate pref-
erences and norms. Moral norms are required where there
is a conflict of interest accompanied by interdependence
that is strong enough that the members of a social unit
must find a way to cooperate effectively. Social norms
may reflect the interests of the majority, either because
the potential violator has a long-term interest in comply-
ing with the norm (collective norm) or because she can
avoid being punished this way (majority norm).

Some norms and moral emotions may be present in
other animals, although they probably differ in the degree
to which social norms are internalized and represented as
psychological goals in their own right.
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